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Pesiome

Buosnoruueckas Gpukcanus a3ora, cBi3aHHas ¢ HepMEHTATUBHBIM MEPEBOJIOM aTMOC(EPHOro ra3000pa3HOro
a30Ta B MUHEPANBHBIA a30T B BHJC aMMHAaKa, SBISICTCS BAKHBIM MPOIECCOM TOJICPIKAHUS TIIO0POIHS
nouBsl ¥ ku3Hu Ha 3emuie. Kommeke nif-reHos (ot anri. nitrogen fixation), kotopeie KOAUPYIOT CHHTE3 U
perymsinuio GepMeHTa HUTPOreHAa3bl, HMEETCSI JIUIIb Y MPOKAPUOTHUCCKUX OPTaHU3MOB. A30THHUKCHPYIOLIHE
MHKPOOPIaHM3MBl HMMEIOT IIUPOKUH apean oOHTaHUS, OT CBOOOJHOXHMBYIIMX (OPM B MOYBE M 1O
CUMOMOTHYECKHX B KITyOCHbKAaX Ha KOpPHAX 0000BbIX pacTeHuid. [103TOMY, y AaHHBIX MHKPOOPTaHH3MOB
00pa30BaMCh CIOXKHBIE PETYIATOPHBIE CETH, KOTOPbIE YIPABISIOTCS MHOTOYHCIEHHBIMH KOJIOTHYECKHMH
curHaiaMd. B naHHO#l paboTe OBUIM pacCMOTPEHBI HEKOTOPBIE MEXaHM3MBl PEry/sIUH IpoLecca
GaxTepraIbHON a30T(HUKCAINH.

KunroueBbie ciioBa: a3oThukcanus, CBOOOJHOKHUBYIIHE a30TPUKCATOPBI, HUTPOTeHa3a, puKcaius a3oTa, Nif-rexsi,
SYym-reHsl
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Resume

Biological fixation of nitrogen, associated with the enzymatic transfer of atmospheric gaseous nitrogen to
mineral nitrogen in the form of ammonia, is an important process for maintaining soil fertility and life on
Earth. The complex of nif-genes (from nitrogen fixation) that code for the synthesis and regulation of the
enzyme nitrogenase is present only in prokaryotic organisms. Nitrogen-fixing microorganisms have a wide
range of habitats, from free-living forms in the soil and to symbiotic in the nodules on the roots of
leguminous plants. Therefore, these microorganisms have formed complex regulatory networks that are
controlled by numerous environmental signals. In this paper, some mechanisms of regulation of the
bacterial nitrogen fixation process were considered.

Key words: nitrogen fixation, free-living nitrogen fixers, nitrogenase, nitrogen fixation, nif-genes, sym-genes

B mporecce a3oTdUKCAIMH BaXHEHIIYIO POJIH HEMOCPEICTBEHHO YYACTBYIOIIHE B MpoIecce (HUKCAINH
WTpaeT TeHETHYECKas PETYIAIMs 3KCrnpeccuu Nif-renos asota. DUIOTeHETHYECKOE ToNoXeHne Nif-reHoB, Kak
(ot amrm nitrogen fixation), xoampyrommx Oenku- CBOOOTHOKUBYIIIHX, TaK u CUMOUOTHYECKUX
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KOppENHUpYeT C TOJIOKEHHEM APYruX SYM-TEHOB, YTO
MOXET TOBOPUTH 06 X pas3iM4HOM OSBOJIIOIIMOHHOM
TIPOMCXOKACHHH.

v CBOOOTHOKUBYIIIMX a30T(UKCATOPOB
YPOBEHb a30T(QHKCAIHUN PEryIHpYyeTcs HECKOJIbKUMH
nyrsiMd.  [lepBeIM W3  HUX SBISETCS  KOJIMYECTBO
MOUEBHHBI WM APYTUX a30THCTHIX COCANHEHUH B Cpele.
I[Ipy WX TOBBIIEHHOM COAEPXAaHWUH  IPOUCXOAUT
HHrubuposanue npouecca azordukcanuu [Krapp, 2015].

Y mporteobakTepuil TIABHBIMH PETYIATOPAMHU
TeHOB OEJKOB, YYacTBYIOIIMX B mpouecce (ukcauuu
azota sBistoTcs RpoN u NifA. AnprepHaTHBHBIN CHTMa-
¢axrop 54 (RpoN) ucnonbzyercs MHOTUMH OaKTEpHIMHU
JJIA TPAHCKPUIIIMK TI'C€HOB, YYaCTBYIOIIHWX B HIMPOKOM

CHeKTpe KJIETOYHBIX byHKIui, TaKUX Kak
HCIOJb30BaHUE a30Ta, BUPYICHTHOCTh, PEAKIIMU CTpecca
u  OWOCHHTEe3 IKTyTHKOB. RpoN  cBsi3bIBaeTcs €
npomotopamu  -24 [/ -12-tmma ¢ KOHCEHCYCHOMN
nocienosarenbHocThlo  TGGCACGNNNNTTGC  [De
Meyer, 2016]. OnHako JUIsT  MHULUUUPOBAHUS

TPAHCKPUIILIMK €My TpeOyeTcss Haludue DSHXaHCep-
ceasbiBatoriero  Oenka (EBP), koropeim  siBisiercs
peryastop tpanckpunuuu NifA. Tawxke NifA wurpaer
LIEHTPaIbHYI0O  pOJb B  KauecTBe  aKTHUBATOpa
TPAHCKPUILIMU JUIsi OKCIPECCHMH TeHa HHUTPOTeHa3bI
(nifHDK)  [Thiel, 2017]. Tem nifA  mmpoko
pacnpocTpaHeH B a’pobax (uckmoUcHUE
Cyanobacteria), HO NpaKTHYECKd HE BCTPEYAETCS Y
aHa’poOOB  (OCHOBHOE  HCKIIIOYEHHE Chloraobi).
AxtuBHOCTh Oeska NifA koHTpoaupyetcs ypoHeM O, u
NH,*, a Tarke KOHIIEHTpaIneil 2-okcuriroropara [Lee,

2014; De Bruijn, 2015]. Opnako, y HEKOTOPBIX
Gammaproteobacteria CYIIECTBYET MEXaHH3M
perymsiunn - aktuBamuu  NIfA  gepes NifL, xkotopsrit

SIBJISIETCS.  PETYJISITOPHBIM O€NKOM, M BeleT celdsi Kak
penpeccop o©54-3aBucuMoro Oenka-aktuBaTopa NifA.
Benxu NifL u NifA ¢yHKIHMOHUPYIOT BMECTE B OTBET Ha
U3MEHEHUE OKHCJIUTEILHO-BOCCTAHOBHUTEIILHOTO,
a30THOTO M YIVIEPOJHOTO cTaTryca OakTepuu W jaajee
KOHTPOJIUPYIOTCS TpaHCAYKIIMOHHBIM OenkoM GInK. I'en
nifL maxoaurcst HenocpeacreenHo nepen NifA. Myraruu,
BBI3BIBAIOIIME HapyIIeHUs OJKcrmpeccud rena nifl B
omepone NifLA, MpUBOASAT K NOBBIICHHOH a30TdUKcAINH
[Remigi, 2016; Gao, 2016].

CylecTByeT Takxe JBa BCIOMOTATeNbHBIX Nif-
acconuupoBaHHbIX Kominiekca (Rnf m Fix): xomrmuiekc
Rnf orBeuwaer 3a ¢ukcauuio aszora y Rhodobacter u
koMmIiekc FixAB cBsi3aH C 3JI€KTPOHTPAHCTIOPTHBIM
¢maBonporenHom (Etf), a FixCX cBs3zan c¢ Etf-
XuHOHpeaykrazoil. Kpome toro, Gemok Rnfl wurpaer
Ba)XKHYIO POJIb B pabOTE 3JIEKTPOH-TPAHCIIOPTHBIX CUCTEM
[Hui, 2014].

buonorndeckast ¢uxcanus asora ABISIETCS
SHEPro3aTpaTHbIM IIpoleccoM M TpedyeT OoJbIIOro
konmuuectBa AT®. JIng storo, Hampumep, y HEKOTOPBIX
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OakTepuii ecTh crneuuduyeckuii kmacrep reHa ATD-
cuHTa3bl. [IpoAyKT »dKCHpeccHMH JaHHOTO T'€HHOTO
Kjactepa oOecrieynBaeT MOBBINICHHBI cuHTe3 AT
[Terpolilli, 2016; Nova-Franco, 2015].

depmeHT HHUTpOTeHa3a COCTOUT u3
romoauMepHoro OenkoBoro kommoneHta NifH (Fe
Oenxa), KOTOPBIN nepesaer AIIEKTPOHBI B

rereporeTpamepubiii  6enok  NifDK  (6enox  MoFe),
KOTOpBI  comepXuUT  O,-4yBCTBUTEIBHBIN  JKeJe30-
MomOneHoBe  kodakTop (FeMo-kodakrop), caifrt
BOCCTaHOBIICHUs: cyOcTpara [Suganuma, 2014]. Mo-
CoIepXKAIIUI OENOK HUTPOreHa3bl COAEPKUT HECKOIBKO
BaXHBIX  METaUIOB-KO(AKTOpoB, BKiIO4as FeMo-
kogakrop [Udvard, 2013]. IloBblieHHOE COIEpPIKAHKE
MOJMOACHA B Cpejie NPHBOMUT K IMOBBIIICHUIO YPOBHS
azoTdukcaiuu.  JIOCTYIHOCTh  METAUIOB  SIBJISICTCS
BOXHBIM  (aKTOPOM,  OTPAHHYMBAIOLIAM  YPOBCHB
Tparckpunuuu Nif-reroB. ['enbl, kogupyromue Fe-
conepxammit G6emok (NifH) m MoFe-6enok  (nifDK),
00JIaIAl0T MOBBIMICHHBIM YPOBHEM TPAaHCKPHUIILUH, YTO
MIPUBOJUT K TOBBIIICHHON HapaboTke OenxoB NifH u
NifDK. 3Ot Meramicomepamue OETKH OTHOCATCS K
quciy CaMBbIX CJIOKHBIX 6CHKOBLIX KJIaCTEpOB,
W3BECTHBIX B MpUpOJe, W TPeOYyOT 3HAYUTEIBHOTO
ypoBHs coaepxkanus xene3a B cpeae [Cheng, 2016]. B
JOTIOJIHEHHEe K 9THM  CTPYKTYpHBIM  OeJkam
HUTPOTeHA3bl, KiacTepbl Nif-reHoB MOryT KOAMpOBaTh
Oenku, yYacTBYIOIIME B pPETYISALIUH  a30T(UKCALUH
(NifALI1I2), mepenoce oamektponoB (NifF]) wu
ouocunrese FeMo-kodaktopa (NifXENBQUVYS), a
TaKoKe OCNIKOB C ellle HeonpeAeieHHBIMU (QyHKIusAMH. B
¢unorennn NifHDK kiacrepa weTko mpociexuBaercs
9BOJIIOLIMOHHOE  pa3lielieHHe Mexay adpodaMu U
aHa’poOaMu, KOTOPOE BBIPAKACTCSl B 00pa30BaHUN JIBYX
pa3IMYHBIX BETBEH. OyHKIIMOHATIbHBIN COCTaB
KJIacTepoB Nif-TEHOB 3HAYMTENBHO pa3iMyaeTcs Cpeau
TaKCOHOB, TIJ€ OHU BaAPbUPYIOT OT MHUHHUMAJIBHOI'O
cOCTaBa TE€HOB, KOTOPBIE KOAUPYIOT  AKTHBHYIO
murporenasy (NifHDKEB), a Takke  HECKOJBKO
peryastopusix  6enkos  (Methanocaldococcus sp.), mo
OakTepuii, KOTOpbele cozaepxkar Ooiee 20 reHOB
(Azotobacter vinelandii). Tlokazamo, uro Nif-Gemku
MOSBIJIMCh Yy MCETaHOTCHHBIX OaKTepHuid, a B Ipolecce
SBOJIIONUY UX unciio yeenuuunock [Nelson, 2015].

ITo Bceii Bumumoctu O, OKa3aja 3HAYHUTEIHHOE
BnusHHEe Ha 3Boyonuio Nif-OenkoB myrem Habopa
KOHKPETHBIX ~ BCIIOMOTaTeJIbHBIX ~ OCNKOB,  KOTOPBIS
YYaCTBYIOT B PEry/sIlMH (PEPMEHTOB U UX CO3PEBAHHUH.
BakHble u3MeHEHHsI B CTPYKType Nif-reHoB mpousormim
npu nepexone OakTepuii-a30TPHUKCaTOPOB u3
aHa’pOOHBIX YCIIOBHH CYIECTBOBAHUS K a’dpOOHBIM
[Mus,2016].

B pesynbrare  9BOJIOLMOHHOTO  OTOOpa
o6pazoBacs ynyumeHHsiit FeMo-kodakrop. bemox NifZ
ObLT BKIIIOUEH B OmocuHTeTHYecknii P xiactep B MoFe-
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OelKke W MOXKET YyJacTBOBAaTh B pelapalyd 3TOTO
kiactepa y A. vinelandii u Klebsiella pneumoniae. Benok
NifW o6pasyer xommiuexkc ¢ MoFe-0emkom mipu
Bo3zeiictBun Oy, M MOXET ydacTBOBaTh B 3alluTe
HuTporeHasbl oT wHaktuBaimu O,. Tensr NifZ u nifWw,
yAydIaloT —~ CO3peBaHME  HUTpOreHassl M e
(bepMeHTaTHBHYIO CTaOMIBHOCTE, NIfQ Tpebyercs mis
aktuBHOCTH Mo-Hutporenasst B A. vinelandii u K
pneumoniae mpH BBIPANIMBAHWH B YCIOBHSX CPEIbI,
comepxameii Mo mis OwmocmHTe3a FeMo-kodakropa
[Walker, 2015; Maroti, 2014; De Mita, 2014].

Fen nifW Berpewaetcss y Bcex adpoOHBIX
muazotpodoB, Bkiouas Actinobacteria. Bemok NifW
oOpasyetr komriekc ¢ MoFe GenkoM mpu BO3AEHCTBUH
O,. T'en nifX Takke HPUCYTCTBYET BO BCEX adPOOHBIX
reHoMax u B HEKOTOPBIX aHa’pOOHBIX
npoTeoOaKTepHATbHBIX TeHOMaX. BeposrtHo, reH nifxX
MOSIBUJICSL JI0 TIepexoja OT aHa’poOHOH K a’poOHOM
¢ukcanmu N,. bemox NifX cBsspBaer FeMo-kodakrop
KOrJa He Hy)kHa Mo-3aBucumast ¢ukcanus N,. ['enst NifT
u NifZ comepikarcs B HacToOsIIEE BPEMS BO BCEX POIaXx,
3a uckmodenuem Actinobacteria, BeposTHO 3TH TeHBI
MOSIBUIIMCH TIOCTIE pa3jiesieHuss poaoB. [1o Hen3BecTHHIM
npuurHam  rensl  NIfA w  nifQ orcyrcryror B
akTMHOOAKTepusX W  nuaHoOakrepusix. Ilepexon
HUTpPOTEHa3bl OT aHa’pOoOHOW K a’dpoOHOH cpeme ObLI
CBSI3aH C  IEPEeX0/IOM OT  IOCTPAHCISILIMOHHOTO
perynupoBanus B anaspobax (Nifl112) k perymsuuun Ha
ypoBHe Tpanckpurun (NifA) y oOnuratHeIX aspo0oB u
(aKyJIbTaTUBHBIX aHA3POOOB.

Pu3obun npencraBiasor M3 ceds  rpymmy
MHUKPOOPraHU3MOB, CIIOCOOHBIX K CHMOMOTHYECKOH
¢ukcanuy azoTa B cMMOHO3e ¢ 0OOOBBIMU PACTEHISIMH.
W3-3a 4yBCTBUTENFHOCTH HUTPOTEHA3HOTO KOMILIEKCA K
KHCIIOpOAy, M (UKcalluu aszoTa eMmy TpeOyroTcs
VCIOBHS C HH3KUM COJCpXKaHWEM Kucioponma. Y
a30THHUKCUPYIOINX OakTepuil TpeOOBaHME K HU3KOMY
COIEPXKAHHUIO KHUCIOPOAA OKPYXKAIOIIeH Ccpeasl U
MOTPEOHOCTH B JbIXaHUM I mpousBoictBa ATP
SIBJISIETCS TTapajokcanbHbiM [Barron, 2009; Foster, 2011].
VY OonplIMHCTBA pH300OHHA  3KcmpeccHio  fiX-TeHOB,
perynupyer JIBYXKOMIIOHeHTHass cucrema FixL-FixJ
(TCS) [Herridge, 2008; Gonzalez, 2014].

OKCHEepUMEHTHl  TOKa3blBalOT,  4YTO  JUIS
HHIYKIHHU dKcnpeccud NIfA reHa B BereTaTHBHOM POCTE
y  ObicTpopacTymux  BuAoB  Sinorhizobium  sp.
JOCTATOYHO MHKpoaspobHeix yciosmit (S. meliloti).
Korna koHIeHTpammss KHCIOpOJa CHIDKAeTCst  JI0
COOTBETCTBYIOIIMX YPOBHEH, sKcmpeccus rena NifA
WHIYLUPYETCS 0 YPOBHEH, OONBIINX, YeM Te, KOTOPHIC
HaOI0Ial0TCsl B KITyOGHbKaX JIFOLepHBI. [IpoMoTops B S.
meliloti (P1 u P2), akTMBHpYyIOIIME SKCIPECCHIO TeHa
NifA, MOryT MHAYLHPOBATHCS CIOHTAHHO. JKCIPECCHSI
reda NifA, u ¢yakiun Genka NifA mpakTHUECKHd He
3aBUCST OT HAIWYMS B cpele (PUKCHPOBAHHOTO a3oTa. B
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KIIyOeHbKax 0000BBIX HU3Kas KOHLIEHTpaLus
cBobogHoro O, mocTMraeTcs  OeicTBHEM  Oenka
JIETTEeMOTTIOONHA, KOTOPBIA SIBIACTCS CUMOHMOTHYCCKHM
creu)UYECKUM PACTUTEIBHBIM OCITKOM, CXOIHBIM C
GakTepuanabHeIME TIHTOXpoMamu [De Meyer, 2016]. Dto
0/THOBPEMEHHO 3aIlInIIaeT HUTPOTEHa3y oT
HEOOpaTUMOTO  WHTHOMPOBAaHUS  KUCIOPOJIOM  H
obecrieunBaeT JOCTATOYHOE KOJIUYECTBO KHCIOPOA IS
GaKTEepHATIBHOTO JBIXaHUS M BBIPAOOTKH SHeprud. [l
IITAMMOB ~ MEUICHHOPACTYIIMX pHU300MH, KOTOpEIE,
CHOCOOHBI K HECMMOMOTHYECKOW (hMKCalMy a3oTa, JIs
WHOYKIAA ~ Takke  HEOOXOOWMBI  MHKpPOadpOOHEIE
ycioBus. MuKpoaspoOHasi MHAYKIHS SKCIPECCHH TeHa
nifA MOXET MPOUCXOTUTh B MPUCYTCTBHH
(DMKCHPOBAHHBIX HMCTOYHHKOB a30Ta. JTO IPOUCXOIUT
MIOTOMY, 4TO pU300MH (PUKCHPYIOT a30T B OCHOBHOM JUIs
9KCIOpPTa K HX CUMOHMOTHYECKOMY XO35MHY, a HE IS
TIOJIEpKaHUs BET€TaTUBHOTO POCTa.

Y  Oaktepuil,  OTHOCSIIMXCA K  DPOAY
Sinorhizobium, reust fixL u fixJ 3akoaupoBanbl B 0JTHOM
onepoHe B cuMmbuoTndeckoi miasmuae pSYmA. T'en fixL
KOIUPYEeT KAaHOHHUYECKYI0 THCTUAMHKHHA3Y, KOTOpas
MPUKPETUIACTCSI K KJIETOYHOI MeMOpaHe.
Ayrodochopmmmpyromas u (ocdarazHas aKTHBHOCTH
oenka FixL perynupyrorcss KOHIICHTpAILUEH KUCIOpoaa 1
aKTHBHOCTBIO aHTHKHMHa3HOTO peryisropa FixT [Diaz,
2017; Kneip, 2007]. Bemok FixL BocnpuHuMaeT
KUACIIOpOJ]  4Yepe3  reM-(parMeHT,  CBSI3aHHBIA  C
koHcepBaTuBHBIM joMeHOM PAS [Lechene, 2007]. Koraa
KOHIIEHTpauus KUClopoaa Hu3Kasi, pocharHas rpynmna B
Oenke FixL mMoxer OBITH IepelaHa peryisaTopy peakuuu
otBeta FixJ. B atux ycnosusx Oenok FixJ-P orBeuaer 3a
akTuBanuio resoB nifA um fixK [Rondon, 2007]. FixK
sBiseTcss MHAyKTopoM omepoHa fiXNOQP, xkoTopsrit
KoaupyeT cbb3 nuTOXpOMOKCHIA3Y.

B apyrux puzobusix, Takux kak Bradyrhizobium
japonicum perymuposanue hifA u fixK pasgensiercs na
nBa cerMeHTa. CerMEHT IBYXKOMIIOHEHTHOH CHCTEMBI
RegS-RegR aktuBupyer re nifA, a cerment FixL-FixJ
oTBewaer 3a axrtmBaimio rena fixK [Scott, 2010].
WHTepecHo, YTO HEe BCE PH300MH HCIIONB3YIOT OENKH
JIBYXKOMITOHEHTHOU cucteMbl FiXL-FixJ mis akruBarmu
skcnpeccun reHa fixK u FixK perymona. B Rhizobium
etli u Rhizobium leguminosarum bv. viciae 6enox FixL
MpeacTaBisieT co00if THOPHUAHYIO TUCTHIMHKHHA3ZY
(hFixL) 06e3 TpaHCMeMOpaHHBIX CETMEHTOB. JTOT T€H
pacrionoxen Ha miasmune PCFN42f B o6mactu, KoTopast
conepxxut kormu reHoB fixK, fixNOQP u fixG [Sohm,
2011]. YV R. etli 6Gemok hFixL uHHOUHpYyeET
PETYISATOPHYIO 1LenodKy fiX TeHOB B KOOpIMHALUH C
6enmkom FxkR, mpunammexammm k cemeiictsy OmpR /
PhoB, 6e3 yuactus Genka FixJ [Stucke, 2017]. V R. etli
6enok FxkR HemocpencTBEHHO aKTHBUPYET SKCIPECCHIO
rena fixKf B oTBer Ha HH3KYI0 KOHIICHTpAIIHIO
KHACIIOpOJia IIyTeM CBS3BIBAaHMS C  ONpENeNICHHOU
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MOCJIEI0BATENBHOCTBIO, Ha3bIBAEMOM K-box
(GTTACANNNNGTTACA), PacTonoXeHHON B
perynone fixKf. Benoxk hFixL R. etli comepxur, B
JIOTIONIHEHNE K N-TepMHHAIBHOMY TI'€MCBS3bIBAIOIIEMY
PAS nomeny, BTOpol noMeH 0e3 TeMCBS3BIBAIOIIETO
PAS nomena m C-koHIeBOMl nomeH. buoxmmmuueckue
HCCIIEJOBaHNS IOKA3bIBAIOT, YTO ITOT Oenok obmamgaer
OUYeHb HU3KUM cpoacTBOM K O,. MyTaHTHBIC IITaMMBbI
GaxTepwii, He UMeroIKe TeMcBs3bIBaoniero PAS nomena
wm oOnagaromue omuO0YHO  (PochHOPIITHPOBAHHBEIMH
caiitamu (Asp) B C-KOHIIEBOM JIOMEHE OONaJar0T
MoBBIIIeHHON ad¢uuHOCTRIO Oenka x O, [Larmola,

2014]. ITomoGuble hFixL H FxkR-0enku,
pacrosiararonmecss B HEMOCPEACTBEHHONH OJM30CTH OT
rena fixKf, Obuin OOHapyXeHbI Yy HECKOJIBKHX

anbsdanporeobakrepui, Bkarodas S. meliloti [Yan, 2008].
Tennt hfixL, fxkR u fixKf-mogo0OHs1il reH pacmosioxkeHs
na pSymA [Zehr, 2011]. Opmmako rem fxkR wumeer
MYTaIMIO, CBS3aHHYIO C PaMKOH CUMTBIBAHHUS, KOTOpas
OPUBOAUT K  00pa3oBaHHIO  HEQYHKIHOHAIBHOTO
perymsaropa  3KCIOpecCHMH. OJTa  MyTalusi  paMKu
CYMTHIBaHUSI OTCYTCTBYET B reHome mramma S. meliloti
SM11, KoOTOpbIif OTHOCHUTCS K JOMHHHPYIOIIUM
AOOpHTeHHBIM INTaMMaM, BBIICJIICHHBIM U3 KIYOCHBKOB
moniepusl B ['epmanuu [Franck, 2015; Masepohl, 2017].
I'eHOM 3TOro IITaMMa COCTOMT M3 XPOMOCOMBI, IBYX
meramiazmug  (PSmeSM11c u pSmeSM1ld) u aByx
MeHbIUX rasmuabl  (pSmeSMlla u  pSmeSM1lb)
[Knoth, 2014]. I'erom S. meliloti SM11 komupyer kak
YHUKAIbHBIC TEHbI, TaK M TMOBTOpstomrecs: fiX reHsL
Omepon fixL-fixJ, a Taxxe Tpu fix-omepona NOQP, nsa
rena fiXT u fixK u ogun onepon fixGHIS koaupyrotcs Ha
Mmeramazmuae pSmeSM11c. DTOT pemiMKoH —TaKke
COZCPXKUT ycedeHHyr0 Komuio fixJ, pacrmonokeHHYO
nepen oneponom fiXNOQP-2 u remamu fixH, fixl u fixS,
pacnooKeHHbIMU HIKe 10 Hanpasienuto ot fiXNOQP-
3. OrcyrcrBue anaspobokca (TTGNNNNNNNNCAA) B
PETYISTOPHOM obnacTu orrepoHa fixXNOQP-3
MpEIoiaraeT, 4To0 OH HE HAXOJHUTCSA IMOJ KOHTPOJEeM
Fnr-momo6noro perymsaropa. Perymupyromuii perumoH
fixka umeer xoncepBatuBHblii K-Gokc. YcTaHOBIEHO,
yro npomotop fixKa oGbeannen ¢ renom UIdA, KOTOpBIi
MHIYLUPYETCs B MHUKpoa’poOHBIX ycioBusax y R. etli.
Okcnpeccusi rena fixKa B aToM cimyyae 3aBHCHT OT
mammaus hFiXL n FxkR. O6uapyxkeno, uto B S. meliloti
SM11  nmByxkommoHentHas  cuctema  hFixL-FxkR
OTPHUIIATENBbHO pErynupyeT sKcmpeccuio reroB fixNL,
fixK1 o Hen3BeCTHOMY MEXaHU3MY.

Eme omHOM MHTEpecHOW 0COOEHHOCTHIO 3TOTO
PETYISTOPHOTO KacKana SIBISICTCS HAIMYHe HEOOJBIIOro
oenka FixT, koTopwlii jAelcTByeT Kak HWHIHOMTOP
KnHa3HOM aktuBHocTH  Oenka FixL. bemox FixK
aktuBupyer reH fiXT, Koaupyrommidi aBTOHOMHBIN
MIPUHUMAIOMNH OETTKOBBIA TOMEH, KOTOPBIil HHTHOMpPYeET
6ernok FixL [DeLuca, 2008].
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Takum 00pa3oM, TeHeTHYecKas peryIsIus
a30TQUKCAIUU OCYIIECTBIIACTCS CIOKHBIM KOMIUIEKCOM
renoB. CocTaB M CTPYKTypa JaHHBIX T'CHOB, a TaKKe
CIIOCOOBI HX perysiumn pa3anyaroTCs y
CBOOOTHOKUBYIIAX 31 CUMOMOTHYECKHX
a30TQUKCHPYIOMIHUX OakTepui. ITO CBsI3aHO MPEXKJe
BCETO C BOJIIOIIMOHHBIM Pa3BUTHEM JIAaHHBIX OaKTepHUil U
CMEHOW yCNOBHH OOWUTAaHUS, T.e. NEPEXOJAOM OT

aHadpOOHBIX K a’pOOHBIM YCIOBHMAM JKHU3HH, UYTO
INPUBEIO K YCIOXKHEHHIO T€HETHYECKOM CHUCTEMBI
azorpukcanuu. IloaToMy  nanbHeilnee — H3ydeHUe
PETYIATOPHBIX ~MEXAaHU3MOB  a30TQUKCAMM U UX

IIOHUMAaHUC HUMCCT BaAXXHOC 3HAUCHHUC [JId CO3JaHUus

paCTI/ITeHBHO-MI/IKp06HBIX CHCTEM, IICHHBIX JJIIsL
YCJIIOBCUCCTBA.
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